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Summary. The first part of this review (“Monitoring of airborne biological particles in outdoor atmosphere. �art �� �mpor�-
tance, variability and ratios”) describes the current knowledge on the major biological particles present in the air regarding their 
global distribution, concentrations, ratios and influence of meteorological factors in an attempt to provide a framework for 
monitoring their biodiversity and variability in such a singular environment as the atmosphere. Viruses, bacteria, fungi, pollen 
and fragments thereof are the most abundant microscopic biological particles in the air outdoors. Some of them can cause 
allergy and severe diseases in humans, other animals and plants, with the subsequent economic impact. Despite the harsh condi-
tions, they can be found from land and sea surfaces to beyond the troposphere and have been proposed to play a role also in 
weather conditions and climate change by acting as nucleation particles and inducing water vapour condensation. �n regards to 
their global distribution, marine environments act mostly as a source for bacteria while continents additionally provide fungal 
and pollen elements. Within terrestrial environments, their abundances and diversity seem to be influenced by the land�use type 
(rural, urban, coastal) and their particularities. Temporal variability has been observed for all these organisms, mostly triggered 
by global changes in temperature, relative humidity, et cetera. Local fluctuations in meteorological factors may also result in 
pronounced changes in the airbiota. Although biological particles can be transported several hundreds of meters from the 
original source, and even intercontinentally, the time and final distance travelled are strongly influenced by factors such as wind 
speed and direction. [Int Microbiol 20�6; �9(�)����3]
 
Keywords: airborne biological particles · airbiota · bioaerosols · meteorological factors · air-genome ratios
*Corresponding author: D.A. Moreno
Escuela Técnica Superior de Ingenieros Industriales
Universidad �olitécnica de Madrid (ETS���U�M)
José Gutiérrez Abascal, 2
28006 Madrid, Spain
Tel. +34-913363164. Fax +34-913363007
E�mail� diego.moreno@upm.es
Airborne biological par ticles and their impor-
tance in the atmosphere
According to Després et al. [26], bioaerosol particles can in-
clude viruses, bacteria, fungi and their spores, pollen, frag-
ments of lichen, plants or invertebrates. In a recent study, 
Fröhlich�Nowoisky et al. [38] described also the diversity of 
airborne archaea, adding up new organisms to the list. The 
attention and impact of research on airborne microbiota have 
diversified and grown as the knowledge has improved. �ni-
tially focused on global human airborne diseases such as viral 
infections (influenza or meningitis), bacterial diseases (Le-
gionnaires’ disease) and fungal infections (aspergillosis) [32], 
current studies have extended the importance of the biological 
aerosols to more particular situations. For instance, respira-
tory diseases developed by farmers and livestock workers 
have been related to inhalation of organic dust carrying parti-
cle�associated bacteria, archaea, fungi and viruses [7], with 
subsequent exposure to bioaerosols containing antibiotic re-
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sistant bacteria [3]. �t has been also demonstrated that the ex-
posure to high concentrations of certain species of airborne 
pollen and fungal propagules can cause allergy-related dis-
eases including hay fever, asthma, rhinitis and atopic eczema 
to a significant percentage of citizens [4,92], affecting �8–
20% of the European population [9]. Thus, monitoring pollen 
and fungal spores in the air, as aerobiological networks of dif-
ferent countries around the world do (Fig. �), is relevant for 
the diagnosis, treatment and prevention of these allergic dis-
eases, whose prevalence is now three times higher than 30 
years ago [�05]. More recently, research has focused on health 
risks to pets and other animals inhabiting human environ-
ments that could potentially act as disease vectors [29]. 
In addition to her role in human health, bioaerosols have 
relevance in global economy too. The concern about cross-
pollination between genetically modified crops and natural 
plant varieties has led to develop procedures to track pollen 
particles [35]. Many airbone fungal species can cause severe 
plant and animal diseases resulting in large losses in agricul-
ture and cattle raising; and porcine epidemic diarrhea and 
foot-and-mouth disease viruses, also transmitted by aerosols, 
are a major concern for animal farming [�,34]. Another inter-
esting aspect related to the study of airborne microbiota is the 
biological deterioration or biodeterioration, triggered when 
certain microorganisms colonize the surfaces of materials 
such as those in monuments and buildings of important cul-
tural heritage. The risks of biodeterioration are not restricted 
only to external stone surfaces in buildings such as cathedrals 
[85], but also to cave paintings [83], paper�based historical 
archives [8] and cinematographic films stock [�06].
Recent studies have suggested that air is not merely a dis-
semination path for the biota (bacteria, viruses, fungi, spores 
and pollen) coming from other environments (soil, water or 
plant/animal microenvironments) but that it also has its par-
ticular communities of organisms (airbiota), so it should be 
considered as an ecosystem in itself [40,��0]. The atmosphere 
can be seen as an extreme environment due to its chemical 
and physical characteristics, such as extremes of temperature 
(both low and high), solar irradiation (especially the UV part 
of the spectrum), desiccation, and the presence of strong 
chemical oxidants (e.g., ozone, hydroxyl and nitrate radicals), 
low nutrient availability and its large dispersing potential 
[39,40]. Under such conditions, the main activity in the air-
biota ecosystem is expected to be bacteria-related. Because of 
their small sizes and ease of reproduction, bacteria can remain 
in the airspace for days or weeks, long enough to complete 
reproductive cycles. Accordingly, fog and cloud droplets have 
been proposed as an atmospheric niche for bacterial growth, 
providing nutrients as well as protection against desiccation 
and UV radiation [�04]. However, the knowledge on the dis-
tribution of bacteria in the atmosphere is still limited in con-
trast to other environments to confirm this theory. For in-
stance, Tamames et al. [�0�] studied the environmental distri-
bution of prokaryotic taxa using �6S rDNA sequences from 
3,502 sampling experiments in natural and artificial sources. 
They identified selective environmental factors that could ex-
plain bacterial distribution in most cases� particular condi-
tions in animal tissues and in thermal locations, or salinity 
were found to be major constraints on prokaryotic diversity, 
while soil and freshwater habitats would be far less restrictive 
environments. Unfortunately, data for air habitats in that study 
were inadequate due to insufficient sampling, and more stud-
ies are needed to draw any conclusion. Thus, so far, it is still 
unclear whether airborne bacteria are an actual ecological 
community or only a pool of organisms passively gathered 
together from different sources.
Last but not least is the ability of biological particles as 
agents to cloud condensation nuclei (CNN) and/or ice nuclei 
(�N). Nucleating particles are necessary to induce water vapour 
condensation to form liquid water (CCN) or to trigger crystal-
lization of supercooled water (�N). For a long time, it was as-
sumed that only inorganic particles such as those making up 
dust were responsible for CCN and �N in the atmosphere. How-
ever, in the �970s the presence of biological �N was discovered. 
Maki et al. [6�] identified Pseudomonas syringae as a respon-
sible agent for IN, and it has been used as model organism of 
atmospherically relevant IN active bacteria. The contribution of 
pollen, fungi, and bacteria to atmospheric CCN and IN has 
been studied in more detail over the last few decades. Some 
works have characterized bacteria isolated from rainwater us-
ing specialized and sterile devices. Joly et al. [53] found that 
2.7% of cultivable strains were ice�active at ≤ –8 ºC, and Šantl�
Temkiv et al. [86] observed that approximately �2% of culti-
vable bacteria caused ice formation at ≤ –7 ºC. These bacteria 
had probably been emitted to the atmosphere from vegetation 
or terrestrial surfaces, e.g., by convective transport. In both 
studies the main bacteria isolated were Pseudomonas spp., 
which is consistent with other reports from aerosols, clouds and 
fog [2,��]. Steiner et al. [�00] and O’Sullivan et al. [70] have 
shown that small pollen particles (S��) can contribute to CCN 
and �N, influenced by pollen concentrations and the number of 
SPP generated from a single pollen grain. With regards to fungi, 
Spracklen and Heald [99] found that fungal spores and bacteria 
contributed very little (0.003%) to global average immersion 
freezing �N rates, which were dominated by soot and dust. This 
findings concur with global modeling studies that found bio-
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logical particles to be non�significant as a source of �N at glob-
al scale [5�]. Even so, biological particles may be important at 
altitudes between 4 and 7 km, where the contribution of �N of 
biological origin becomes dominant at temperatures warmer 
than –�5 ºC whereas mineral dust particles are typically consid-
ered to be the major contributor below this temperature [24,66]. 
Huffman et al. [52] and Schumacher et al. [89] suggested 
that bioaerosols might also play a major role in midlatitude 
semi�arid forest ecosystems, which is consistent with the ob-
servation that biogenic emissions significantly impact CCN in 
the region [58]. Accordingly, deforestation and changes in 
land use and biodiversity might have a significant influence 
on the abundance of IN, the microphysics and dynamic of 
clouds and precipitation in these regions, and thus on regional 
and global climate [25]. 
Thus, far from being airborne inert matter, biological par-
ticles have a relevant role in the atmosphere with consequenc-
es for health, economy and meteorology, although further 
studies are necessary to clarify their role.
Variability of biological communities in atmo-
spheric aerosols
Geographic patterns, global dispersion and 
spatial variability. We have a limited understanding of 
both how airborne communities vary across different geo-
graphical regions and what are the factors that determine their 
patterns across large scales [��0]. The nature of the biological 
particles found above terrestrial areas is likely to be different 
from that of biological particles found above oceans. For ex-
ample, bioaerosols in marine environments can be expected to 
be rich in bacteria while, over land, they should be rich in 
pollen and fungi, in addition to bacteria. Oceans cover more 
than 70% of the global surface and have a bacterial concentra-
tion of 104 ml–� in surface waters [�6]. �t is assumed that bac-
teria coming from this source, where sea spray aerosols are 
primarily formed at the air/sea interface through bubble-me-
diated processes, may have a major contribution [6]. The spa-
tial distribution of bacterial populations in marine bioaerosol 
samples has been investigated using culture-independent 
techniques by Seifried et al. [90] and Xia et al. [��2]. They 
have reported that the bacterial community in marine aerosols 
is more diverse than previously thought and the overall bio-
logical community is markedly different. Seifried et al. [90] 
have detected a strikingly abundance of �roteobacteria, which 
represent ca. 50%, with the genus Sphingomonas being the 
major representative. Xia et al. [��2] have also suggested that 
the composition of the bacterial community would depend on 
whether the air masses came from the adjacent terrestrial ar-
eas or from marine environments. �n agreement to this, differ-
ent studies have concluded that terrestrial bioaerosol samples 
mainly contain Gram-positive and spore-forming bacteria, 
whereas marine bioaerosols comprise high abundances of 
Gram�negative bacteria and lower concentrations of fungal 
spores than land samples [37,44]. Continental environments 
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Fig. 1. Air collector placed on the roof of the Higher Technical School of Industrial Engineering, Madrid. The 
octagonal dome, 42 m high, was built in �88�–�887, originally to host the �alace of Arts and �ndustry of Madrid. The 
School was located in the building in �907. (See cover and page A2 of this issue.)
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have also their own particularities. According to Shaffer and 
Lighthart [9�], bacterial concentrations in air samples from 
terrestrial regions are under the influence of the land�use, they 
having observed differences between forests, rural and coast-
al areas. �n contrast, Bowers et al. [�3] have found similar 
levels of bacteria independently of the land�use types when 
analyzing samples from agriculture fields, suburban areas and 
forest. However, their results indicate a wider diversity in ru-
ral areas than in cities. 
Within metropolitan areas, bacterial concentrations have 
particularly high spatial variation because they are released 
form strong points sources in contrast to the more spatially 
homogeneous release in agriculture areas [26]. We will dis-
cuss the state�of�the�art of the knowledge about airborne bio-
logical particles in urban areas more extensively in the Part 2 
of this review [69]. 
Some studies have been performed in remote places in-
cluding Antarctica, such as the one carried out by Pearce et al. 
[73] using culture�independent techniques. �n accordance 
with the harsh conditions there, the results showed low bacte-
rial biodiversity and many of the DNA sequences belonged to 
uncultivated microorganisms. Those that could be identified 
were associated to local origin (research station), but they 
also found bacteria from distant sources (either marine or ter-
restrial). These results highlight the strong influence of the 
meteorology to spread biological communities from their real 
source. 
While airborne bioaerosols have been sampled from di-
verse locations around the world for many years, many ques-
tions remain about the nature of biological “pollution,” par-
ticularly on the topic of global dispersion and how far bio-
aerosols can travel from the points of origin [97]. Some aero-
biological studies indicate that pollen can be transported up to 
�00–�000 km [88,98], and evidences for long�range transport 
of pollen and fungal spore bioaerosols have been also de-
scribed by Mandrioli et al. [63]. 
A recent work of �russin et al. [80] simulated the global 
transport of atmospheric particles, considering a scenario in 
which a small virus and a large fungal spore were released at 
the same time from the top of a 10-m tall building. According 
to their model, they concluded that the spore would be trans-
ported a horizontal distance of less than 150 m before settling 
to the ground, while the viral particle would be transported 
nearly 200,000 km. Although too simple, the study leads to 
remark two important ideas regarding biological particles in 
the atmosphere� (i) the potential for long�distance transport of 
very small particles, especially viruses; (ii) the distance trans-
port can be significantly modified by different factors such as 
aggregation between different biological particles (and also 
with non�biological matter), adaptations for aerial transport 
(as some fungal spores or pollen have), and the influence of 
meteorological factors (wind speed, precipitation). Thus, it is 
difficult to interpret whether a particular airborne community 
is representative of the local area where it has been found or a 
combination of more distant sources.
Additional information can be found in a review of bacte-
rial distribution in the global atmosphere published by Bur-
rows et al. [�6], revealing the complexity of the matter.
Abundance vs. altitude. Of all the different layers that 
form the atmosphere, it is in the troposphere (the lowest layer, 
reaching a maximum height of around �8–20 km above 
ground) where biological particles are to be found and where 
studies on aerobiology are carried out. Nonetheless, some mi-
croorganisms have been found also in the stratosphere (the 
second layer of Earth’s atmosphere, between 20 and 50 km 
above ground).
Within the troposphere, there is a first layer, known as the 
near�surface or lower atmosphere in which all of the afore-
mentioned biological particles are found (i.e., viruses, fungi, 
bacteria, pollen, et cetera). Physics suggests that the concen-
tration of these particles will gradually decrease towards zero 
as altitude increases, the largest ones, such as pollen grains, 
being the first to disappear. At higher altitudes, in the free tro-
posphere, only smaller biological particles (such as fungi and 
bacteria and probably viruses) are expected to be found. How-
ever, there is no information about the point at which they 
shall no longer be found and note that pollen grains have been 
observed up to 2 km [68], supporting the influence of many 
factors, including atmospheric turbulences promoting vertical 
transport.
Human exposure to aeroallergens usually occurs at ground 
level. However, the stations of the aerobiological networks 
usually operate with samplers placed on the roof of buildings, 
around �0–30 m over ground level. Several studies, including 
those performed by Fernández�Rodríguez et al. [3�] for pol-
len and Khattab and Levetin [57] for fungi have examined the 
abundances of these particles using spore traps set at ground 
level and rooftops at �2–�6 m. Both authors conclude, and it 
is widely accepted, that pollen and fungal spore counts do not 
significantly differ between the two locations but some diver-
gences have been observed when different pollen types or 
fungal spores are separately analyzed. In this regard, Hart et 
al. [50] analyzed three different heights (�2, 24 and 34 m) and 
reported that the differences in the pollen abundance between 
the different levels were highly correlated with weather condi-
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tions, especially wind speed and rainfall. These results cor-
roborate the hypothesis that recurring meteorological factors 
favor vertical exchange and long-range transport of pollen 
grains suggested by Mandrioli et al. [63]. Unfortunately, there 
is not enough information correlating pollen distribution in 
height and weather variables to set a conclusion.
For altitudes above towers, the use of light aircrafts (Fig. 
2), air balloons and more recently unmanned aerial vehicles 
(UAVs), have been proposed. UAVs can fly below �000 feet, 
altitude at which light aircrafts can be operated; hot air bal-
loons have been used for some studies at higher altitudes. Fun-
gal spores have been detected by culture and microscopy in air 
samples collected using UAVs at 25–45 m [�03] and 320 m 
[87]. West and Kimber [�07] recently reviewed the use of 
UAVs for agronomic studies for plant pathogens monitoring.
At altitudes of �0 km, DeLeon�Rodriguez et al. [22] have 
found, by quantitative �CR (q�CR), that bacterial abundance 
at this height (5.� × �03 cells/m3) is at least two orders of mag-
nitude greater than that of fungi, which suggests that particles 
with sizes similar to those of bacterial cells (0.�–3 µm) tend 
to stay longer in the atmosphere than larger particles, such as 
fungal cells and spores (typically >3 µm in diameter). These 
conclusions have been intensely questioned by Smith and 
Griffin [94], and replied by DeLeon�Rodriguez et al. [23].
At altitudes of 20 km, at the interface between the tropo-
sphere and the stratosphere, Griffin [42] and Smith et al. [96] 
identified the presence of viable microorganisms by using 
culture techniques. They found bacteria of the genus Bacillus 
and the fungal genus Penicillium, which are common in ter-
restrial and aquatic environments. All of the isolates identified 
were spore�forming pigmented fungi or bacteria of terrestrial 
origin, which suggested that the presence of viable microor-
ganisms in the Earth’s upper atmosphere might not be uncom-
mon. In fact, spores can protect microorganisms from physi-
cal stresses such as UV radiation induced DNA damage, dry-
ness, and extreme temperatures. Although both studies pro-
vide evidence for the long-distance, stratospheric level trans-
port of microbes across the open oceans, this does not prove the 
existence of an independent airborne microbial ecosystem.
Lastly, Smith [93] reviewed the presence of microorgan-
isms in the upper atmosphere (from 2� km to 77 km), noting the 
lack of publications about stratospheric microbiology missions, 
mainly due to the difficulties in obtaining sufficient biomass to 
study (morphology, culture or DNA analysis). He remarked 
that while astrobiology experiments in space are expensive and 
occasional, many fundamental questions about life in the uni-
Fig 2. (A) Airborne particle collector designed for the Program 
AIRBIOTA-CM to sample high volumes of air for metagenomic 
studies. This prototype can be attached to UAVs or any other 
vehicle as shown in the picture (wing of an airplane). (B) Agarose 
gel showing the results of the �CR to detect the DNA from 
different groups of organisms obtained with such collector after 
sampling in the specified locations during � h in 20�5 summer 
session (unpublished data). Flights were conducted by Airestudio 
Geoinformation Technologies S.Coop and Ingeniería Medio 
Ambiental S.L. (�MA) in La Rioja and Murcia (Spain), respectively. In
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verse could be studied in our own atmosphere. At the very least, 
studying life in the limits of our atmosphere can provide a bet-
ter comprehension about the diversity, distribution, and evolu-
tion of life on Earth. Furthermore, radiation-resistant cells 
found in the upper atmosphere could help us to identify genes 
or enzymes that provide such great endurance [93].
So far, most studies at different altitudes have been con-
ducted using culture methods. The biases introduced by cul-
turing have been well documented for other environments and 
ecosystems, but the limitations are even more pronounced 
with air samples since microbes can be damaged or inacti-
vated by desiccation and irradiation during atmospheric trans-
port [95]. �n the next few years, next�generation sequencing 
will confirm the biodiversity and relative abundances of the 
different biological particles as a function of altitude, although 
new devices and procedures must be developed to face this 
challenge.
Meteorological factors
As exposed above, air samples collected from different loca-
tions may differ with respect to the relative abundances of 
specific biological particles. Moreover, samples from a same 
location may vary significantly in abundances and biodiver-
sity throughout a given season but also in a short time (days or 
even hours). These differences are probably caused by chang-
es in regional and local meteorological factors such as tem-
perature, wind speed, and rainfall. Temperature, set by global 
location and time of the year, is probably one of the most in-
fluential factors. An extensive review about the influence of 
meteorological factors on atmospheric bioaerosols was pub-
lished by Jones and Harrison in 2004 [54]. Here, we review 
more recent publications, mostly based on DNA�sequence 
analyses, to extract some common conclusions.
Temporal variability. Many works have been conducted 
that studied the seasonal changes of bioaerosols in different 
locations, especially by analyzing bacterial diversity. In gen-
eral, microorganisms are less abundant in the air during win-
ter [5,�2,�4], which can be explained by the unfavorable 
weather conditions for bacterial growth and changes in the 
emission sources (plants, soil and water), as suggested by 
Bowers et al. [�2,�4]. Nevertheless, not only changes in bac-
terial abundances but also in diversity between seasons have 
been observed by Tanaka et al. [�02] in a survey over one�
year period. Franzetti et al. [36] studied the bacterial commu-
nities associated with airborne particulate matter, finding 
large seasonal variations, with plant�associated bacteria dom-
inating in summer and spore�forming bacteria in winter. 
Those findings were supported by other authors including 
Brodie et al. [�5], who suggested that warm temperatures 
might increase dehydration in soil/plant-related bacteria, in-
ducing spore formation and their aerosolization. 
Regarding fungal variability, �ashley et al. [72] studied by 
restriction fragment length polymorfism (RFL�) analyses the 
fungal variation in the atmosphere in three selected days rep-
resenting dry and wet summer periods. They found differ-
ences not only in the fungal composition but also in the abun-
dances of clones, which suggested a clear influence of the 
meteorology. 
Oliveira et al. [7�] conducted a 2�year study to analyze the 
influence of several environmental factors on fungal spores 
composition in the air in two cities of �ortugal. They found 
higher abundances of spores in summer and autumn, with the 
lowest peak during winter months. Their results classified the 
fungal spores in three types based on their peak of abundance� 
summer (with Alternaria and Cladosporium as main repre-
sentatives), spring-autumn, and late spring-early summer 
spores. Within the selected spore types under study, they con-
cluded that summer spores correlated positively with temper-
ature and negatively with relative humidity and rainfall. The 
opposite was determined for spring�autumn spores, and no 
correlations with meteorological factors were found for As-
pergillus/Penicillum spore type. These results agree with the 
study performed by Grinn�Gofroń and Bosiacka [45], in Szc-
zecin, �oland. They reported that air temperature was the 
most influential variable to explain the variation in airborne 
spore composition, the allergens Alternaria and Cladospori-
um being the most abundant at high temperatures, while there 
was a negative correlation with relative humidity. These ex-
amples show the complexity to study the influence of meteo-
rological factors, since different fungi react inversely to varia-
tions of the same factor. Nonetheless, they clearly show the 
influence of environmental factors on fungal spore dispersion.
The most seasonal variation in biological particles, however, 
is probably represented by plants. Pollen spectra change dra-
matically over the year� while some pollen types appear, some 
others disappear completely because of different phenological 
stages. For instance, in Madrid (Spain), poplar and elm trees 
(genera Populus and Ulmus, respectively) have a peak of pol-
lination in winter, and pollen grains of these two genera are 
not present in the regional atmosphere at a different times of 
the year [47]. Current studies about the influence of meteoro-
logical factors in pollen spreading usually focus on one par-
ticular pollen type, specially those with allergenic effects, 
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concluding that the pollination calendar can extend or shorten 
depending on factors such as temperature and rainfall, and the 
abundances of pollen in a particular area are highly influenced 
by wind speed and direction [8�,84].Changes in meteorologi-
cal factors over the seasons correlate with fluctuations of sev-
eral concomitant factors such as temperature, relative humid-
ity, and solar radiation [54]. Consequently, the single influ-
ence of any of these factors on the airborne biological particle 
is difficult to analyze. 
�n addition to seasonal changes and fluctuations in shorter 
periods of time have been observed. Lighthart and Shaffer [60] 
suggested that the bacterial abundance could be split into five 
spans during the day, the lowest concentrations occurring be-
fore dawn and the highest during the morning. Diurnal varia-
tions were also observed by Fang et al. [30] in China, but with 
the opposite pattern, and Fierer et al. [33] described significant 
changes in bacterial and fungal relative abundances in a 10-day 
span. However, �olymenakou [76] and Womack et al. [��0] 
concluded that, despite short�term fluctuations, the microbial 
composition tended to remain steady throughout the year. 
The relationships between the different biological particles 
have been scarcely explored. Whon et al. [�08] studied the 
presence of airborne viruses and bacteria over several months, 
always observing higher abundances of viruses. Bowers et al. 
[�0] studied, by culture�independent analyses, the relative 
abundance of bacteria, fungi and pollen associated to particu-
late matter over a year. They found that bacteria were always 
the dominant organisms in two different locations, with fungal 
relative abundances peaking during spring and summer months. 
�n addition, Fierer et al. [33] detected significant daily changes 
in bacterial and fungal abundances, inverting their relative im-
portances. All these results were probably influenced by weath-
er conditions and local sources of organisms. Therefore, addi-
tional studies are needed to reach a conclusion.
Wind as responsible for transport of biological 
particles and dust. Wind is the main factor responsible 
for releasing and transporting biological particles from ter-
restrial environments and also promotes the formation and 
spread of marine bioaerosols. Wind speed initially contributes 
to the release of spores and bacteria from the surfaces of 
plants and soil, and to their dispersion. The typical threshold 
wind speed required to remove biological particles from the 
ground (3.0–5.4 m/s) is greater than that necessary to remove 
them from plants (0.5–2.0 m/s) [2�]. However, for the vast 
majority of fungi, there is no information about the strength of 
the spore attachment and the values of the threshold wind 
speed required [65].
Local wind direction was largely responsible for changes 
in the concentrations of different airborne biological particles. 
Di Giorgio et al. [27] described that bacterial concentrations 
increased with wind speed, and Rojo et al. [84] found that pol-
len spectra were governed by the location of pollen source 
and wind direction. 
High wind speeds favor that marine bacteria are ejected 
into the air along with sea spray aerosol particles [67]. More-
over, it has been observed that the wind speed is related with 
the wind direction. �olymenakou and Mandalakis [77] identi-
fied higher numbers of marine bacteria�associated sequences 
when south winds crossed the inland of Crete, while the op-
posite was observed when north winds passed over the Aegean 
Sea. This discrepancy could be partly explained by the fact 
that north winds were blowing at very low speed (�� ± 6 km/h), 
which constrained the formation of sea�spray aerosol and the 
ejection of marine microbes from sea surface to the atmo-
sphere. �n a similar way, Fahlgren et al. [28] described, in a sea 
coast of Sweden, higher abundances of airborne bacteria in 
winter, contrary to other authors, who observed the opposite 
[5,�2,�4]. However, they explained that this controversial re-
sults might be due to the wind speed over the sea source re-
gions (upwind of the sampling site), which was higher in win-
ter than in summer in that particular location.
Consequently, aerobiological studies must take into ac-
count variables such as wind speed and direction, which can 
change the results and conclusions dramatically. 
Strong winds over arid lands can lift dust above the bound-
ary layer and transport it several kilometers or even more than 
5000 km before settling it, depending on the particle character-
istics (size, chemical composition) and the air�mass properties 
(e.g., velocity, density, height). The intercontinental transport 
of millions of tons of desert dust per year has been studied for 
decades, but research on the biological particles traveling be-
tween continents with the dust started recently (reviewed by 
Kellogg and Griffin [56]). Along with organic and inorganic 
nutrients bound to dust minerogenic particles, biological par-
ticles are mobilized from the arid soil and transported over 
long distances [44,78], and might include allergens and patho-
gens as well as pollutants. Therefore, transport of desert dust is 
believed to play a major role in many geochemical, climato-
logical, environmental and health processes. 
�n general, most studies comparing dust events with non�
dusty events describe higher abundances of the biological 
particles and a greater diversity of the microbial community 
structure. Thus, Griffin et al. [43] found that the abundances 
of airborne microorganisms can be 2–3 times those found 
during “African dust�events” in the Caribbean, observing an 
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order of magnitude increase in dust-associated viruses ver-
sus background. Correspondingly, concentrations of bacte-
rial cells and mineral particles were ten�fold higher during 
Kosa (Asian dust) event than in non�Kosa event days [62]. 
Even Katra et al. [55] found higher numbers of bacterial and 
eukaryotic OTUs that were unique when the organismal di-
versities of dust from two storm events separated by �8 days 
in southern �srael were analyzed, also implying different 
origins of the biota. 
Besides viruses and bacteria, dust storms can contribute 
with foreign fungal and pollen diversity. Because of their siz-
es, it is improbable that they are carried attached to dust par-
ticles; they must be dragged by the air mass and transported 
along with the storm. Similar to the results for bacteria, it is 
widely accepted that these events lead to an increase in fungal 
concentration and diversity [46,���]. Cariñanos et al. [�8] 
also detected pollen from five non�native plants exclusively 
during dust events from North Africa to Spain via Saharan 
dust, which supported that not only microorganisms would be 
submitted to dust storm transportation. 
The study conducted by �olymenakou et al. [75] found a 
correlation between particle sizes and microbial community 
structure during a dust storm in Crete, Greece, which suggests 
the existence of a preferable particle-selection by microorgan-
isms to travel. Additionally, they observed that a large fraction 
of microorganisms at respiratory particle sizes (<3.3 µm) 
were phylogenetic neighbors to human pathogens.
Because of the character extremophile of the atmosphere, 
most bacteria may not survive during their long-range trans-
ports. �n agreement, Hara and Zhang [49] found that the bac-
terial viability in long�range transported dust was less than 
40%, whereas in non�dusty air it was more than 76%. Despite 
such differences, the final viable bacterial concentrations 
were comparable or even higher in long�range transported 
dust than in non-dusty air because of the great input. Note that 
they found a quantitative relation between coarse particles 
(diameter >�.0 µm) and viable bacterial cells for dust sam-
ples, which suggested a protective effect of the large particles 
towards the microbial community. 
�n parallel, Cao et al. [�7] studied the microbiota associ-
ated to air pollutants PM2,5 and PM10 (particulate matter with 
diameters less than 2.5 and �0 µm, respectively) during a se-
vere smog event in Beijing, China. They found that the rela-
tive abundances of bacteria, archaea, fungi and viruses seemed 
to rise with the increase in �M concentration. The authors 
suggested that this could represent a recently evolved trans-
fer-mechanism supporting and increasing their natural dust-
mediated dispersion. 
Ratios of airborne biological particles 
and air genome
Ratios of airborne biological particles. Ratios or 
proportions between different microorganisms are frequently 
used in environmental studies. The most common are the bacte-
rial/fungal ratio (BFR) and the virus/bacterial ratio (VBR). The 
BFR for air samples has been estimated based on the microbial 
abundances of several works. Di Giorgio et al. [27] observed 
that BFRs were different in urban and natural areas. �n the met-
ropolitan spaces, BFR held steady at 4 during the whole year, 
while in the rural areas this value was around 2 from October to 
March (fall and winter) and ranged from � to 0.4 from March to 
October (spring and summer). However, Haas et al. [48] found 
that the levels of fungi in an urban environment (the city of 
Graz, Austria) changed from equal to higher than those of bac-
terial levels (BFR ranged from � to 0.06). Even a higher varia-
tion was described by Fierer et al. [33], with bacterial/fungal 
ratios that ranged from 8 to 0.08 throughout the five sampling 
days in the University of Colorado. 
The BFR also varies with altitude and the studies performed 
at a height of �0 km by DeLeon�Rodriguez et al. [22] yielded 
results that implied that this altitude was much more favorable 
for bacteria (BFR = 29). Overall, BFRs for airborne samples 
seems to vary between 0.06 and 29, clearly influenced by loca-
tion, altitude and seasonal factors. We calculated a fungi/pollen 
ratio (F�R) estimation of �00, indicating higher concentrations 
of fungal spores than of pollen grains in a boreal forest in Fin-
land, based on data from Manninen et al. [64] .
The VBR is usually employed to describe the relative 
abundance between viruses and bacteria. By using fluores-
cence microscopy, �russin et al. [79] determined a VBR value 
of 1.4 from outdoor air samples collected during September 
and October in (Blacksburg) Virginia (USA), indicating that 
ca. 40% more viruses than bacteria were present in the air. 
Whon et al. [�08] examined outdoor air in Korea and found an 
average VBR of 2.2 while Griffin et al. [43] observed a VBR 
of 1.3 in the Caribbean air. Considering that these values are 
not directly comparable because different methodologies 
were applied, and that the VBR in other environments can 
range dramatically from 0.2 (in the human gut) [82] to 2750 
(in agricultural soil) [�09], the VBRs obtained from air sam-
ples could be a very good approximation to the real value, 
although further research is required to confirm it.
DNA in the atmosphere, or air genome. Studies 
on the biodiversity and abundances of biological particles in 
the atmosphere have been hampered by the low concentra-
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tions of biological particles per m3 of air, especially for cul-
ture-dependent methods. Among the main airborne biological 
particles, i.e. pollen, fungi, bacteria and viruses, the latter are 
the most difficult to study because (a) their sizes are orders of 
magnitude smaller than those of the other airborne biological 
particles, and (b) they are obligate intracellular parasites and 
therefore the use of culture�dependent techniques are limited 
by our knowledge about the host of each specific virus—the 
viability of the viruses during collection turns a major issue. 
In the case of a metagenomic approach, viruses do not 
share a common marker gene, such as 16S ribosomal DNA in 
bacteria, or internal transcribed spacer 2 (�TS2) in fungi. So, a 
“shotgun” sequencing procedure is required to study viral 
community structure. Additionally, the extraction efficiency 
of nucleic acid from viral particles is usually low, making it 
even more difficult to obtain enough DNA. Former NGS tech-
nologies required �–5 µg of DNA to prepare a shotgun�se-
quencing library, while current kits have reduced remarkedly 
this amount to ca. � ng of viral genomic material [80].
Assuming high concentrations of airborne viruses such as 
those found by Whon et al. [�08] in Korea, (�.7 × �06– 4.0 × �07 
viruses/m3), and according to our estimations (Table �), it 
would be necessary to sample 290 m3 of air to recover 1 ng of 
DNA to perform a viral metagenomic study.
 Obviously, it is possible to find lower concentration values 
in air than those listed in Table 1 due to meteorological factors, 
seasonal variations, height, location, et cetera. In these cases, 
sampling larger volumes of air would be required to obtain 
enough DNA but fast advances in sequencing platforms lead to 
require less and less genetic material for the analyses. 
Conclusions
Outdoor air contains plenty of biological particles from differ-
ent sources, mostly bacteria, fungi and spores thereof, pollen 
and viruses. Some of these organisms, or just parts of them, 
can cause allergies, disorders and diseases in humans and 
other animals, with important health and economical conse-
quences. They have been also suggested to influence weather 
conditions and have a role in climate change. Therefore, mon-
itoring and broadening our knowledge about their distribution 
and global and local patterns should be a priority. It is a com-
plex matter and so are the challenges to face. Oceans, forests, 
urban spaces, et cetera have different point sources of bacte-
ria, fungi, pollen and viruses, which vary substantially from 
one environment to another, not only in concentration but also 
in the diversity of each group of organisms. In addition, me-
teorological factors such as temperature or wind affect dra-
matically to their air transport, and they may undertake major 
temporal changes. As a consequence, sampling organization 
is crucial to obtain valid representative results. 
Ideally, all the biological particles should be analyzed to-
gether. So far, most studies analyzing the diversity and/or dis-
tribution of airborne biological particles focus on one only 
type of them, e.g. bacteria, fungi or pollen, separately. Works 
considering two or more usually provide ratio information 
(VBR, BFR, F�R), which is a good advance to consider the 
atmosphere as a particular ecosystem as has been proposed by 
some authors. The limitation to confront an integral study of 
all the biological particles has been set mainly by methodol-
ogy. Traditional methods in aerobiology and microbiology ap-
plied to the study of air samples are based on microscopy and 
culture�dependent techniques; they are time�consuming, re-
quire great expertise for visual identification, and the bias of 
culturing must be assumed. Moreover, the low concentrations 
of airborne biological particles require the analysis of high 
volumes of air, which is limited by the samplers, time and the 
collection surface. Nevertheless, new tools and devices, such 
as the above mentioned UAVs, offer new alternatives. 
Thus, metagenomics emerges as a promising solution for 
Table 1. Estimation of air volumes required for air genome studies
Biological abundance in the outdoor 
atmosphere
Genome size 
(Mb)
DNA concentration 
(pg/m3)
Air required (m3) to sample
for 1 ng DNA
Pollen �0–�04 grains/m3
(Gutiérrez�Bustillo et al., 200�) [47]
5.8 × �02–�.2 × 105
(Gregory et al., 2007) [4�]
5.8–�.2 × �06 8.3 × �0–4 –�.7 × �02
Fungi 103 –�04 spores/m3
(Codina et al., 2008) [20]
9.0–8.� × 102
(Gregory et al., 2007) [4�]
9.0–8.� × 103 0.�2–�.� × 102
Bacteria 104–�06 cells/m3
(Lighthart, 2000) [59]
0.58–�0
(Claverie et al., 2006) [�9]
5.8–�.0 × 104 0.�0–�.7 × 102
Viruses 1.7 × 106–4.0 × 107 VPLs/m3
(Whon et al., 20�2) [�08]
0.002–2.5
(Whon et al., 20�2) [�08]
(�hilippe et al., 20�3) [74]
3.4–�.0 × 105 0.0�–2.9 × 102
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many of these difficulties. The development of DNA sequenc-
ing technologies has made it possible to detect all the organ-
isms in a sample independently of their viability. The great 
sensitivity of such techniques allow to detect even minor rep-
resentatives in the samples. The application of high-through-
put DNA sequencing to study airborne biological particles 
will be addressed in �art 2 of this review [69]. 
Acknowledgements. This study was funded by the Community of Ma-
drid, Spain, under the A�RB�OTA�CM �rogram (S20�3/MAE�2874).
Competing interests. None declared.
References
1.  Alonso C, Goede DP, Morrison RB, Davies PR, Rovira A, Marthaler 
DG, Torremorell M (20�4) Evidence of infectivity of airborne porcine 
epidemic diarrhea virus and detection of airborne viral RNA at long 
distances from infected herds. Vet Res 45�73 doi��0.��86/s�3567�0�4�
0073-z
2.  Amato �, �arazols M, Sancelme M, Laj �, Mailhot G, Delort AM 
(2007) Microorganisms isolated from the water phase of tropospheric 
clouds at the �uy de Dôme� major groups and growth abilities at low 
temperatures. FEMS Microbiol Ecol 59�242�254 doi��0.����/j.�574�
6941.2006.00199.x
3.  Arfken AM, Song B, Sung JS (20�5) Comparison of airborne bacterial 
communities from a hog farm and spray field. J Microbiol Biotechnol 
25�709�7�7 doi��0.40�4/jmb.�408.08005
4.  Barnes C, Schreiber K, �acheco F, Landuyt J, Hu F, �ortnoy J (2000) 
Comparison of outdoor allergenic particles and allergen levels. Ann 
Allergy Asthma �mmunol 84�47�54 doi��0.�0�6/S�08���206(�0)62740�8
5.  Bertolini V, Gandolfi �, Ambrosini R, Bestetti G, �nnocente E, Rampazzo 
G, Franzetti A (20�3) Temporal variability and effect of environmental 
variables on airborne bacterial communities in an urban area of northen 
�taly. Appl Microbiol Biotechnol 97�656��6570 doi��0.�007/s00253�
012-4450-0
6.  Blanchard DC (�989) The ejection of drops from the sea and their 
enrichment with bacteria and other materials� A review. Estuaries �2� 
�27��37 doi��0.2307/�35�8�6
7.  Boissy RJ, Romberger DJ, Roughead WA, Weissenburger-Moser L, 
�oole JA, LeVan TD (20�4) Shotgun pyrosequencing metagenomic 
analyses of dusts from swine confinement and grain facilities. �LoS One 
9�e95578 doi��0.�37�/journal.pone.0095578
8.  Borrego S, �erdomo � (20�2). Aerobiological investigations inside 
repositories of the National Archive of the Republic of Cuba. 
Aerobiologia 28�303�3�6 doi��0.�007/s�0453�0���9235�x
9.  Bousquet J, Khaltaev N, Cruz AA, Denburg J, Fokkens WJ, Togias 
A, Zuberbier T, Baena�Cagnani CE, et al. (2008) Allergic rhinitis 
and its impact on asthma (AR�A) 2008. Allergy 63(Suppl 86)�8��60 
doi��0.����/j.�398�9995.2008.0�629.x 
�0.  Bowers RM, Clements N, Emerson JB, Wiedinmyer C, Hannigan M�, 
Fierer N (20�3) Seasonal variability in bacterial and fungal diversity 
of the near�surface atmosphere. Environ Sci Technol 47��2097��2�06 
doi��0.�02�/es402970s
��.  Bowers RM, Lauber CL, Wiedinmyer C, Hamady M, Hallar AG, 
Fall R, Knight R, Fierer N (2009) Characterization of airborne 
microbial communities at a high-elevation site and their potential to 
act as atmospheric ice nuclei. Appl Environ Microbiol 75�5�2��5�30 
doi��0.��28/AEM.00447�09
�2.  Bowers RM, McCubbin �B, Hallar AG, Fierer N (20�2) Seasonal 
variability in airborne bacterial communities at a high-elevation site. 
Atmos Environ 50�4��49 doi��0.�0�6/j.atmosenv.20�2.0�.005
�3.  Bowers RM, McLetchie S, Knight R, Fierer N (20��a) Spatial 
variability in airborne bacterial communities across land-use types 
and their relationship to the bacterial communities of potential source 
environments. �SME J 5�60��6�2 doi��0.�038/ismej.20�0.�67
�4.  Bowers RM, Sullivan A�, Costello EK, Collett JL, Knight R, Fierer N 
(20��b) Sources of bacteria in outdoor air across cities in the midwestern 
United States. Appl Environ Microbiol 77�6350�6356 doi��0.��28/AEM. 
05498-11
�5.  Brodie EL, DeSantis TZ, �arker J�M, Zubietta �X, �iceno YM, Andersen 
GL (2007) Urban aerosols harbor diverse and dynamic bacterial 
populations. �roc Natl Acad Sci USA �04�299�304 doi��0.�073/pnas. 
0608255104
�6.  Burrows SM, Elbert W, Lawrence MG, �öschl U (2009) Bacteria in the 
global atmosphere � �art �� Review and synthesis of literature data for 
different ecosystems. Atmos Chem �hys 9�9263�9280 doi��0.5�94/acp�
9-9263-2009
17.  Cao C, Jiang WJ, Wang BY, Fang JH, Lang JD, Tian G, Jiang JK, Zhu 
TF (20�4) �nhalable microorganisms in Beijing’s �M2.5 and �M�0 
pollutants during a severe smog event. Environ Sci Technol 48��499�
�507 doi��0.�02�/es4048472
�8.  Cariñanos �, Galán C, Alcázar �, Domínguez E (2004) Analysis of the 
particles transported with dust�clouds reaching Cordoba, southwestern 
Spain. Arch Environ Contam Toxicol 46��4���46 doi��0.�007/s00244�
003�2273�9 http�//link.springer.com/article/�0.�007/s00244�003�2273�9
�9.  Claverie JM, Ogata H, Audic S, Abergel C, Suhre K, Fournier �E (2006) 
Mimivirus and the emerging concept of “giant” virus. Virus Res ��7��33�
�44 doi��0.�0�6/j.virusres.2006.0�.008
20.  Codina R, Fox RW, Lockey RF, DeMarco �, Bagg A (2008) Typical levels 
of airborne fungal spores in houses without obvious moisture problems 
during a rainy season in Florida, USA. J Investig Allergol Clin Immunol 
�8��56��62 http�//www.jiaci.org/summary/vol�8�issue3�num332
2�.  Cowherd C, Englehart �, Muleski GE, Kinsey JS, Rosbury KD (�990) 
Control of fugitive and hazardous dusts. Noyes Data Corporation, Park 
Ridge, NJ, USA. �SBN� 0�8�55��253�8
22.  DeLeon-Rodriguez N, Lathem TL, Rodriguez-R LM, Barazesh JM, 
Anderson BE, Beyersdorf AJ, Ziemba LD, Bergin M, Nenes A, 
Konstantinidis KT (20�3) Microbiome of the upper troposphere� Species 
composition and prevalence, effects of tropical storms, and atmospheric 
implications. �roc Natl Acad Sci USA ��0�2575�2580 doi��0.�073/
pnas.1212089110
23.  DeLeon-Rodriguez N, Lathem TL, Rodriguez-R LM, Barazesh JM, 
Anderson BE, Beyersdorf AJ, Ziemba LD, Bergin M, Nenes A, 
Konstantinidis KT (20�3) Reply to Smith and Griffin� Methods, air 
flows, and conclusions are robust in the DeLeon�Rodriguez et al. study. 
�roc Natl Acad Sci USA ��0�E2085 doi��0.�073/pnas.�304466��0
24.  DeMott �J, �renni AJ (20�0) New directions� Need for defining the 
numbers and sources of biological aerosols acting as ice nuclei. Atmos 
Environ 44��944��945 doi��0.�0�6/j.atmosenv.20�0.02.032
25.  DeMott �J, �renni AJ, Liu X, Kreidenweis SM, �etters MD, Twohy CH, 
Richardson MS, Eidhammer T, Rogers DC (20�0) �redicting global 
atmospheric ice nuclei distributions and their impacts on climate. Proc 
Natl Acad Sci USA �07���2�7���222 doi��0.�073/pnas.09�08�8�07
26.  Després VR, Huffman JA, Burrows SM, Hoose C, Safatov AS, Buryak 
G, Fröhlich�Nowoisky J, Elbert W, Andreae MO, �öschl U, Jaenicke 
R (20�2) �rimary biological aerosol particles in the atmosphere� a 
review. Tellus Ser B�Chem �hys Meteorol 64��5598 doi��0.3402/tellusb 
v64i0.15598
�nt. Microbiol. Vol. 19, 2016 11BIOAEROSOLS VARIABILITY OUTDOOR
27.  Di Giorgio C, Krempff A, Guirauld H, Binder �, Tiret C, Dumenil G 
(�996) Atmospheric pollution by airborne microorganisms in the 
city of Marseilles. Atmos Environ 30��55��60 doi��0.�0�6/�352�
23�0(95)00�43�M
28.  Fahlgren C, Hagström Å, Nilsson D, Zweifel UL (20�0) Annual 
variations in the diversity, viability, and origin of airborne bacteria. Appl 
Environ Microbiol 76�30�5�3025 doi��0.��28/AEM.02092�09
29.  Failloux AB, Moutailler S (20�5) Zoonotic aspects of vector�borne 
infections. Rev Sci Tech Off �nt Epizoot 34��75��83 
30.  Fang Z, Ouyang Z, Zheng H, Wang X, Hu L (2007) Culturable airborne 
bacteria in outdoor environments in Beijing, China. Microb Ecol 54�487�
496 doi��0.�007/s00248�007�92�6�3
31.  Fernández-Rodríguez S, Tomo-Molina R, Maya-Manzano JM, Silva-
�alacios �, Gonzalo�Garijo A (20�4) A comparative study on the effects 
of altitude on daily and hourly airborne pollen counts. Aerobiologia 
30�257�268 doi��0.�007/s�0453�0�4�9325�7
32.  Fernstrom A, Goldblatt M (20�3) Aerobiology and its role in the 
transmission of infectious diseases. J Pathog, Article ID 493960 
 doi��0.��55/20�3/493960
33.  Fierer N, Liu ZZ, Rodriguez-Hernandez M, Knight R, Henn M, 
Hernandez MT (2008) Short�term temporal variability in airborne 
bacterial and fungal populations. Appl Environ Microbiol 74�200�207 
doi��0.��28/AEM.0�467�07
34.  Fisher MC, Henk DA, Briggs CJ, Brownstein JS, Madoff LC, McCraw 
SL, Gurr SJ (20�2) Emerging fungal threats to animal, plant and 
ecosystem health. Nature 484��86��94 doi��0.�038/nature�0947
35.  Folloni S, Kagkli DM, Rajcevic B, Guimarães NCC, Van Droogenbroeck 
B, Valicente FH, Van den Eede G, Van den Bulcke M (20�2) Detection of 
airborne genetically modified maize pollen by real�time �CR. Mol Ecol 
Resour �2�8�0�82� doi��0.����/j.�755�0998.20�2.03�68.x
36.  Franzetti A, Gandolfi �, Gaspari E, Ambrosini R, Bestetti G (20��) Seasonal 
variability of bacteria in fine and coarse urban air particulate matter. Appl 
Microbiol Biotechnol 90�745�753 doi��0.�007/s00253�0�0�3048�7
37.  Fröhlich�Nowoisky J, Burrows SM, Xie Z, Engling G, Solomon 
�A, Fraser M�, Mayol�Bracero OL, Artaxo �, Begerow D, Conrad R, 
Andreae MO, Després VR, �öschl U (20�2) Biogeography in the air� 
fungal diversity over land and oceans. Biogeosciences 9���25���36 
doi��0.5�94/bg�9���25�20�2
38.  Fröhlich�Nowoisky J, Nespoli CR, �ickersgill DA, Galand �E, Muller�
Germann I, Nunes T, Cardoso JG, Almeida SM, Pio C, Andreae MO, 
Conrad R, �öschl U, Després VR (20�4) Diversity and seasonal dynamics 
of airborne archaea. Biogeosciences ���6067�6079 doi��0.5�94/bg����
6067-2014
39.  Gandolfi �, Bertolini V, Ambrosini R, Bestetti G, Franzetti A (20�3) 
Unravelling the bacterial diversity in the atmosphere. Appl Microbiol 
Biotechnol 97�4727�4736 doi��0.�007/s00253�0�3�490��2
40.  Gregory �H (�97�) Airborne microbes� their significance and distribution. 
�roc R Soc B�Biol Sci �77�469�483 doi��0.�098/rspb.�97�.0043
41.  Gregory TR, Nicol JA, Tamm H, Kullman B, Kullman K, Leitch IJ, 
Murray BG Kapraun DF, Greilhuber J, Bennett MD (2007) Eukaryotic 
genome size databases. Nucleic Acids Res 35(Suppl �)�D332�D338 
doi��0.�093/nar/gkl828
42.  Griffin DW (2004) Terrestrial microorganisms at an altitude of 20,000 m 
in Earth’s atmosphere. Aerobiologia 20��35��40
 doi��0.�023/B�AERO.0000032948.84077.�2
43.  Griffin DW, Garrison VH, Herman JR, Shinn EA (200�) African desert 
dust in the Caribbean atmosphere� Microbiology and public health. 
Aerobiologia �7�203�2�3 doi��0.�023/A��0��8682�890�
44.  Griffin DW, Kellogg CA, Garrison VH, Lisle JT, Borden TC, Shinn EA 
(2003) Atmospheric microbiology in the northern Caribbean during 
African dust events. Aerobiologia �9��43��57
 doi��0.�023/B�AERO.0000006530.32845.8d
45.  Grinn�Gofroń A, Bosiacka B (20�5). Effects of meteorological factors 
on the composition of selected fungal spores in the air. Aerobiologia 3�� 
63�72 doi��0.�007/s�0453�0�4�9347��
46.  Grishkan �, Schlesinger �, Mamane Y (20�2) �nfluence of dust storms 
on concentration and content of fungi in the atmosphere of Haifa, Israel. 
Aerobiologia 28�557�564 doi��0.�007/s�0453�0�2�9256�0
47.  Gutiérrez�Bustillo AM, Sáenz C, Aránguez E, Ordóñez JM (200�). �olen 
atmosférico en la Comunidad de Madrid. Documento Técnico de Salud 
�ública No. 70. Consejería de Sanidad, Comunidad de Madrid, 204 pp. 
�SBN� 84�45��20�8�2 [�n Spanish]
48.  Haas D, Galler H, Luxner J, Zarfel C, Buzina W, Friedl H, Marth E, Habib 
J, Reinthaler FF (20�3) The concentrations of culturable microorganisms 
in relation to particulate matter in urban air. Atmos Environ 65�2�5�222 
doi��0.�0�6/j.atmosenv.20�2.�0.03�
49.  Hara K, Zhang D (20�2) Bacterial abundance and viability in long�rate 
transported dust. Atmos Environ 47�20�25 doi��0.�0�6/j.atmosenv.20��.��.050
50.  Hart ML, Wentworth JE, Bailey J� (�994) The effects of trap height and 
weather variables on recorded pollen concentration at Leicester. Grana 
33��00��03 doi��0.�080/00�73�39409427840
5�.  Hoose C, Kristjánsson JE, Burrows SM (20�0) How important is 
biological ice nucleation in clouds on a globlal scale? Environ Res Lett 
5�024009 doi��0.�088/�748�9326/5/2/024009
52.  Huffman JA, �renni AJ, DeMott �J, �öhlker C, Mason RH, Robinson 
NH, Fröhlich�Nowoisky J, Tobo Y, et al. (20�3) High concentrations of 
biological aerosol particles and ice nuclei during and after rain. Atmos 
Chem �hys �3(3)�6�5��6�64 doi��0.5�94/acp��3�6�5��20�3
53.  Joly M, Attard E, Sancelme M, Deguillaume L, Guilbaud C, Morris 
CE, Amato �, Delort AM (20�3) �ce nucleation activity of bacteria 
isolated from cloud water. Atmos Environ 70�392�400 doi��0.�0�6/j.
atmosenv.2013.01.027
54.  Jones AM, Harrison RM (2004) The effects of meteorological factors 
on atmospheric bioaerosol concentrations —a review. Sci Total Environ 
326��5���80 doi��0.�0�6/j.scitotenv.2003.��.02�
55.  Katra I, Arotsker L, Krasnov H, Zaritsky Ä, Kushmaro A, Ben-Dov E 
(20�4) Richness and diversity in dust stormborne biomes at the southeast 
Mediterranean. Sci Rep 4�5265 doi��0.�038/srep05265
56.  Kellogg CA, Griffin DW (2006) Aerobiology and the global transport of 
desert dust. Trends Ecol Evol 2��638�644 doi� �0.�0�6/j.tree.2006.07.004
57.  Khattab A, Levetin E (2008) Effect of sampling height on the 
concentration of airborne fungal spores. Ann Allergy Asthma Immunol 
�0��529�534 doi��0.�0�6/S�08���206(�0)60293��
58.  Levin EJT, �renni AJ, �etters MD, Kreidenweis SM, Sullivan RC, 
Atwood SA, Ortega J, DeMott �J, Smith JN (20�2) An annual cycle 
of size-resolved aerosol hygroscopicity at a forested site in Colorado. J 
Geophys Res� Atmospheres ��7, D0620� doi��0.�029/20��JD0�6854
59.  Lighthart B (2000) Mini�review of the concentration variations found in 
the alfresco atmospheric bacterial populations. Aerobiologia �6�7–�6
 doi��0.�023/A��0076946�8888
60.  Lighthart B, Shaffer BT (�995) Airborne bacteria in the atmospheric 
surface layer� temporal distribution above a grass seed field. Appl 
Environ Microbiol 6���492��496 http�//aem.asm.org/content/6�/4/�492
6�.  Maki LR, Galyan EL, Chang�Chien M, Caldwell DR (�974) �ce 
nucleation induced by Pseudomonas syringae. Appl Microbiol 28�456�
459 http�//aem.asm.org/content/28/3/456
62.  Maki T, �uspitasari F, Hara K, Yamada M, Kobayashi F, Hasegawa 
H, �wasaka Y (20�4) Variations in the structure of airborne bacterial 
communities in a downwind area during an Asian dust (Kosa) event. Sci 
Total Environ 488�489�75�84 doi��0.�0�6/j.scitotenv.20�4.04.044
63.  Mandrioli �, Negrini MG, Cesari G, Morgan G (�984) Evidence for long 
range transport of biological and anthropogenic aerosol particles in the 
atmosphere. Grana 23�43�53
 doi��0.�080/00�73�38409428876
�nt. Microbiol. Vol. 19, 2016 NÚÑEZ ET AL.12
64.  Manninen HE, Bäck J, Sihto�Nissilä SL, Huffman JA, �essi AM, Hiltunen 
V, Aalto ��, Hidalgo �J, et al. (20�4) �atterns in airborne pollen and 
other primary biological aerosol particles (�BA�), and their contribution 
to aerosol mass and number in a boreal forest. Boreal Environ Res 19 
(Suppl B)�383�405 http�//www.borenv.net/BER/pdfs/ber�9/ber�9B�383.
pdf
65.  McCartney HA (�99�) Airborne dissemination of plant pathogens. J Appl 
Bacteriol 70�S39�S48
66.  Murray BJ, O’Sullivan D, Atkinson JD, Webb ME (20�2) �ce nucleation 
by particles immersed in supercooled cloud droplets. Chem Soc Rev 
4��65�9�6554 doi��0.�039/C2CS35200A
67.  Nilsson ED, Rannik Ü, Swietlicki E, Leck C, Aalto ��, Zhou J, Norman 
M (200�). Turbulent aerosol fluxes over the Arctic Ocean� 2. Wind�
driven sources from the sea. J Geophys Res� Atmospheres �06�32�39–
32�54 doi��0.�029/2000JD900747
68.  Noh YM, Lee H, Mueller D, Lee K, Shin D, Shin S, Choi TJ, Choi 
YL, Kim KR (20�3) �nvestigation of the diurnal pattern of the vertical 
distribution of pollen in the lower troposphere using L�DAR. Atmos 
Chem �hys �3�76�9�7629 doi��0.5�94/acp��3�76�9�20�3
69.  Núñez A, Amo de �az G, Rastrojo A, García AM, Alcamí A, Gutiérrez�
Bustillo AM, Moreno DA (20�6) Monitoring of airborne biological 
particles in outdoor atmosphere. �art 2� Metagenomics applied to urban 
environments. �nt Microbiol �9(2) (�n press)
70.  O’Sullivan D, Murray BJ, Ross JF, Whale TF, Price HC, Atkinson JD, 
Umo NS, Webb ME (20�5). The relevance of nanoscale biological 
fragments for ice nucleation in clouds. Sci Rep 5�8082 doi��0.�038/
srep08082
7�.  Oliveira M, Ribeiro H, Delgado JL, Abreu � (2009) The effects of 
meteorological factors on airborne fungal spore concentration in 
two areas differing in urbanisation level. �nt J Biometeorol 53�6��73 
doi��0.�007/s00484�008�0�9��2
72.  �ashley CH, Fairs A, Free RC, Wardlaw AJ (20�2) DNA analysis of 
outdoor air reveals a high degree of fungal diversity, temporal variability, 
and genera not seen by spore morphology. Fungal Biol ��6�2�4�224 
doi��0.�0�6/j.funbio.20��.��.004
73.  Pearce DA, Hughes KA, Lachlan-Cope T, Harangozo SA, Jones AE 
(20�0) Biodiversity of air�borne microorganisms at Halley Station, 
Antarctica. Extremophiles �4��45��59 doi��0.�007/s00792�009�0293�8
74.  Philippe N, Legendre M, Doutre G, Couté Y, Poirot O, Lescot M, Arslan 
D, Seltzer V, Bertaux L, Bruley C, Garin J, Claverie JM, Abergel C 
(20�3) �andoraviruses� amoeba viruses with genomes up to 2.5 Mb 
reaching that of parasitic eukaryotes. Science 34��28��286, Erratum in 
Science 20�3, 34���452 doi��0.��26/science.�239�8�
75.  �olymenakou �N, Mandalakis M, Stephanou EG, Tselepides A (2008) 
Particle size distribution of airborne microorganisms and pathogens 
during an intense African dust event in the eastern Mediterranean. 
Environ Health �ersp ��6�292�296 doi��0.�289/ehp.�0684
76.  �olymenakou �N (20�2) Atmosphere� A source of pathogenic or 
beneficial microbes? Atmosphere 3�87��02 doi� �0.3390/atmos30�0087
77.  �olymenakou �N, Mandalakis, M (20�3) Assessing the short�term 
variability of bacterial composition in background aerosols of the Eastern 
Mediterranean during a rapid change of meteorological conditions. 
Aerobiologia 29�429�44� doi��0.�007/s�0453�0�3�9295��
78.  �rospero JM, Blades E, Mathison G, Naidu R (2005) �nterhemispheric 
transport of viable fungi and bacteria from Africa to the Caribbean with 
soil dust. Aerobiologia 2�����9 doi��0.�007/s�0453�004�5872�7 
79.  �russin AJ, Garcia EB, Marr LC (20�5) Total concentrations of virus 
and bacteria in indoor and outdoor air. Environ Sci Technol Lett 2�84�88 
doi��0.�02�/acs.estlett.5b00050
80.  �russin AJ, Marr LC, Bibby KJ (20�4) Challenges of studying viral aerosol 
metagenomics and communities in comparison with bacterial and fungal 
aerosols. FEMS Microbiol Lett 357���9 doi��0.����/�574�6968.�2487
81.  Recio M, Docampo S, García-Sánchez J, Trigo MM, Melgar M, 
Cabezudo B (20�0) �nfluence of temperature, rainfall and wind trends 
on grass pollination in Malaga (western Mediterranean coast). Agric For 
Meteorol �50�93��940 doi��0.�0�6/j.agrformet.20�0.02.0�2
82.  Reyes A, Semenkovich N�, Whiteson K, Rohwer F, Gordon J� (20�2) 
Going viral� next�generation sequencing applied to phage populations in 
the human gut. Nat Rev Microbiol �0�607�6�7 doi��0.�038/nrmicro2853
83.  Rivalta V (2008) Análisis comparativo de las poblaciones microbianas 
de las cuevas con pinturas rupestres de Covalanas y La Haza (Ramales 
de la Victoria, Cantabria). Tesis Doctoral, Universidad Politécnica de 
Madrid, �SBN� 978�84�69��40���6 [�n Spanish]
84.  Rojo J, Rapp A, Lara B, Fernández�González F, �érez�Badia R (20�5) 
Effect of land uses and wind direction on the contribution of local 
sources to airborne pollen. Sci Total Environ 538�672�682 doi��0.�0�6/j.
scitotenv.2015.08.074
85.  Saiz�Jimenez C (�995) Deposition of antropogenic compounds on 
monuments and their effect on airborne microorganisms. Aerobiologia 
����6���75 doi��0.�007/BF02450035
86.  Šantl�Temkiv T, Sahyoun M, Finster K, Hartmann S, Augustin�Bauditz 
S, Stratmann F, Wex H, Clauss T, Nielsen NW, Sørensen JH, Korsholm 
US, Wick LY, Karlson UG (20�5) Characterization of airborne ice�
nucleation-active bacteria and bacterial fragments. Atmos Environ 
�09��05���7 doi��0.�0�6/j.atmosenv.20�5.02.060
87.  Schmale DG, Ross SD, Fetters TL, Tallapragada P, Wood-Jones AK, 
Dingus B (20�2) �solates of Fusarium graminearum collected 40-320 
meters above ground level cause Fusarium head blight in wheat and 
produce trichothecene mycotoxins. Aerobiologia 28����� doi��0.�007/
s10453-011-9206-2
88.  Schueler S, Schlünzen KH (2006) Modeling of oak pollen dispersal on 
the landscape level with a mesoscale atmospheric model. Environ Model 
Assess ����79��94 doi��0.�007/s�0666�006�9044�8
89.  Schumacher CJ, �öhlker C, Aalto �, Hiltunen V, �etäjä T, Kulmala M, 
�öschl U, Huffman JA (20�3) Seasonal cycles of fluorescent biological 
aerosol particles in boreal and semi-arid forests of Finland and Colorado. 
Atmos Chem �hys �3���987��200� doi��0.5�94/acp��3���987�20�3
90.  Seifried JS, Wichels A, Gerdts G (20�5) Spatial distribution of marine 
airborne bacterial communities. MicrobiologyOpen 4�475�490
 doi��0.�002/mbo3.253
9�.  Shaffer BT, Lighthart B (�997) Survey of culturable airborne bacteria at 
four diverse locations in Oregon� urban, rural, forest, and coastal. Microb 
Ecol 34��67��77 doi��0.�007/s002489900046
92.  Simon�Nobbe B, Denk U, �öll V, Rid R, Breitenbach M (2008) The 
spectrum of fungal allergy. �nt Arch Allergy �mmunol �45�58�86
  doi� �0.��59/000�07578
93.  Smith DJ (20�3) Microbes in the upper atmosphere and unique 
opportunities for astrobiology research. Astrobiology �3�98��990
  doi� �0.�089/ast.20�3.�074
94.  Smith DJ, Griffin DW (20�3) �nadequate methods and questionable 
conclusions in atmospheric life study. �roc Natl Acad Sci USA ��0� 
E2084 doi��0.�073/pnas.�3026�2��0
95.  Smith DJ, Griffin DW, Mc�eters RD, Ward �D, Schuerger AC (20��) 
Microbial survival in the stratosphere and implications for global 
dispersal. Aerobiologia 27�3�9�332 doi��0.�007/s�0453�0���9203�5
96.  Smith DJ, Griffin DW, Schuerger AC (20�0) Stratospheric microbiology 
at 20 km over the �acific Ocean. Aerobiologia 26�35�46 doi��0.�007/
s10453-009-9141-7
97.  Smith DJ, Jaffe DA, Birmele MN, Griffin DW, Schuerger AC, Hee J, 
Roberts MS (20�2) Free tropospheric transport of microorganisms from 
Asia to North America. Microb Ecol 64�973�985 doi��0.�007/s00248�
012-0088-9
98.  Sofiev N, Siljamo �, Ranta H, Rantio�Lehtimäki A (2006) Towards 
numerical forecasting of long�range air transport of birch pollen� theo re�
�nt. Microbiol. Vol. 19, 2016 13BIOAEROSOLS VARIABILITY OUTDOOR
tical considerations and a feasibility study. �nt J Biometeorol 50�392�402 
doi��0.�007/s00484�006�0027�x
99. Spracklen DV, Heald CL (20�4) The contribution of fungal spores 
and bacteria to regional and global aerosol number and ice nucleation 
immersion freezing rates. Atmos Chem �hys �4�905��9059 doi� 0.5�94/
acp-14-9051-2014
100. Steiner AL, Brooks SD, Deng C, Thornton DCO, Pendleton MW, Bryant 
V (20�5) �ollen as atmospheric cloud condensation nuclei. Geophys Res 
Lett 42�3596�3602 doi��0.�002/20�5GL064060
�0�. Tamames J, Abellán JJ, �ignatelli M, Camacho A, Moya A (20�0) 
Environmental distribution of prokaryotic taxa. BMC Microbiol �0�85 
doi��0.��86/�47��2�80��0�85
�02. Tanaka D, Terada Y, Nakashima T, Sakatoku A, Nakamura S (20�5) 
Seasonal variations in airborne bacterial community structures at a 
suburban site of central Japan over a 1-year time period using PCR-
DGGE method. Aerobiologia 3���43��57 doi��0.�007/s�0453�0�4�
9353-3
�03. Techy L, Schmale DG, Woolsey CA (20�0) Coordinated aerobiological 
sampling of a plant pathogen in the lower atmosphere using two 
autonomous unmanned aerial vehicles. J Field Robot 27�335�343 
doi��0.�002/rob.20335
�04. Temkiv TS, Finster K, Hansen BM, Nielsen NW, Karlson UG (20�2) The 
microbial diversity of a storm cloud as assessed by hailstones. FEMS 
Microbiol Ecol 8��684�695 doi��0.����/j.�574�694�.20�2.0�402.x
�05. Thibaudon M, Caillaud D, Besancenot J� (20�3) Méthodes d’étude 
des pollens atmosphériques et calendriers polliniques. Rev Mal Respir 
30�463�479 doi��0.�0�6/j.rmr.20�3.02.006 [�n French]
�06. Vivar �, Borrego S, Ellis G, Moreno DA, García AM (20�3) Fungal 
biodeterioration of color cinematographic films of the cultural 
heritage of Cuba. �nt Biodeterior Biodegrad 84�372�380 doi��0.�0�6/j.
ibiod.2012.05.021
�07. West JS, Kimber RBE (20�5) �nnovations in air sampling to detect plant 
pathogens. Ann Appl Biol �66�4��7 doi��0.����/aab.�2�9�
�08. Whon TW, Kim MS, Roh SW, Shin NR, Lee HW, Bae JW (20�2) Meta�
genomic characterization of airborne viral DNA diversity in the near-
surface atmosphere. J Virol 86�822��823� doi��0.��28/JV�.00293��2
�09. Williamson KE, Radosevich M, Wommack KE (2005) Abundance and 
diversity of viruses in six Delaware soils. Appl Environ Microbiol 7�� 
3��9�3�25 doi��0.��28/AEM.7�.6.3��9�3�25.2005
��0. Womack AM, Bohannan BJM, Green JL (20�0) Biodiversity and 
biogeography of the atmosphere. �hilos Trans R Soc B�Biol Sci 365� 
3645�3653 doi��0.�098/rstb.20�0.0283
���. Wu �C, Tsai JC, Li FC, Lung SC, Su HJ (2004) �ncreased levels of ambient 
fungal spores in Taiwan are associated with dust events from China. 
Atmos Environ 38�4879�4886 doi��0.�0�6/j.atmosenv.2004.05.039
��2. Xia XM, Wang JJ, Ji JB, Zhang JX, Chen LQ, Zhang R (20�5) Bacterial 
communities in marine aerosols revealed by 454 pyrosequencing of the 
�6S rRNA gene. J Atmos Sci 72�2997�3008
  doi��0.��75/JAS�D��5�0008.�

